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Abstract
Facial expressions are important for humans in communicating emotions to the conspecifics
and enhancing interpersonal understanding. Many muscles producing facial expressions in
humans are also found in domestic dogs, but little is known about how humans perceive dog
facial expressions, and which psychological factors influence people’s perceptions. Here,
we asked 34 observers to rate the valence, arousal, and the six basic emotions (happiness,
sadness, surprise, disgust, fear, and anger/aggressiveness) from images of human and dog
faces with Pleasant, Neutral and Threatening expressions. We investigated how the sub-
jects’ personality (the Big Five Inventory), empathy (Interpersonal Reactivity Index) and
experience of dog behavior affect the ratings of dog and human faces. Ratings of both spe-
cies followed similar general patterns: human subjects classified dog facial expressions
from pleasant to threatening very similarly to human facial expressions. Subjects with higher
emotional empathy evaluated Threatening faces of both species as more negative in va-
lence and higher in anger/aggressiveness. More empathetic subjects also rated the hap-
piness of Pleasant humans but not dogs higher, and they were quicker in their valence
judgments of Pleasant human, Threatening human and Threatening dog faces. Experience
with dogs correlated positively with ratings of Pleasant and Neutral dog faces. Personality
also had a minor effect on the ratings of Pleasant and Neutral faces in both species. The
results imply that humans perceive human and dog facial expression in a similar manner,
and the perception of both species is influenced by psychological factors of the evaluators.
Especially empathy affects both the speed and intensity of rating dogs’ emotional facial
expressions.
Introduction
Facial expressions play an important part in nonverbal social communication among us
humans (for reviews, see e.g. [1,2]) as among other mammals (for reviews, see [3,4]). Human
sensitivity for others’ facial expressions facilitates better comprehension of the emotions,
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moods, attitudes and aims of the conspecifics. Likewise, humans also pay attention to the emo-
tional expressions of non-conspecifics. Domestic dogs (Canis familiaris) are of special interest
in this context, since they have underwent a long domestication with humans [5,6] and have
excellent social communication skills (e.g. [7]). Furthermore, dogs have many of the same
muscles that produce facial expressions in humans [8], and their facial expressions are con-
nected to the affective situation [9]. Dogs can differentiate emotions displayed by either
human or dog facial expressions [10–12], and they also show rapid facial mimicry in response
to a conspecific expression during play [13]. Facial expressions thus provide important infor-
mation of conspecific emotions also for dogs; they reflect at least some of their emotional states
by the face and react to others’ expressions accordingly.
Generally, humans agree that animals such as dogs experience emotions [14–16]—espe-
cially basic emotions stated as evolutionary adaptive [17–20]. Human observers show high
consistency in describing animal affective behavior [21,22], in classifying dogs’ emotional
behavior seen from a video [23,24] and evaluating dogs’ barks in emotional situations [25].
Overtly friendly behavior of a dog is the most easily recognized by humans, whereas dog’s
aggression or fear appears more difficult to detect [23,24,26]. Regarding canine facial expres-
sions, valence is discriminated by human observers as accurately as expressions of human chil-
dren [9]. However, dog facial expressions recorded in situations provoking certain discrete
emotions appear more difficult to interpret [27]. Interestingly, evaluator’s experience of dogs
does not seem to have a strong influence on the interpretation of a dog’s emotional state when
read from the face only [9,27]. However, experience is related to judgements of dogs’ bodily
cues [26,28]—perhaps since people with higher dog experience appear better at comprehend-
ing dog’s behaviour associated with emotions [29].
Beyond expertise, very little is known about other factors that may affect how human
observers evaluate dogs’ facial expressions of emotions. Human perception of conspecific facial
expressions, however, is affected by psychological factors such as empathy and personality.
Human empathy is generally agreed to comprise emotional empathy, cognitive empathy, and
the separation of the self from the other [30]. Emotional empathy is further divided into emo-
tional contagion (originating from the rather automatically triggered sharing of the other’s
affective state, likely a phylogenetically old mechanism [31]) and empathic concern (expressing
a worry about others’ wellbeing); instead, cognitive empathy involves a theory of mind -like
meta-representation of the other’s emotional state [32]. Observer’s empathic abilities affect
their evaluation of emotions from human facial expressions: people with higher empathic
scores (usually in emotional empathy or total empathy measures) are more accurate in recog-
nizing emotional facial expressions of other humans [33,34]. They also recognize the emotions
earlier [35] and estimate the intensity of the emotions higher [36].
Also personality factors have an effect on the perception of human facial expressions.
Human personality is characterized by individual differences arising from a person’s socio-cul-
tural development, including person’s attitudes, social relationships and habits [37]. Personal-
ity can be divided into five factors, often collectively referred to as the Big Five: these factors
are generally stable over time [38–40] and they are equally heritable [41]. Two of the factors,
extraversion (characterized by persons’ assertiveness, activity, enthusiasm and positive emo-
tions) and neuroticism (characterized by tenseness, self-consciousness, emotional vulnerability
and moodiness) are often connected to a persons’ perception of the emotional world. People
with higher extraversion generally evaluate happy human facial expressions as being happier
than do those with lower extraversion [42]. In neuroscientific studies, extraversion correlates
with amygdala activation during observation of positive and neuroticism with negative emo-
tional images [43,44], and neuroticism modulates the connectivity between amygdala and pre-
frontal cortex during processing negative facial expressions [45].
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It is not clear how the psychological factors such as personality or empathy may affect emo-
tion evaluation from the expressions of non-human species. However, since dog owners repre-
sent the dog emotions with comparable dimensions as human emotions [46], we can expect
observer’s own psychological abilities to affect perception of dog facial expressions similarly as
expressions of humans. Supporting this view, human empathy appears to generalize toward
other species [47], and veterinarian’s empathic abilities affects his/her evaluation of animal
pain [48]. Since empathy has also been suggested to affect interpretation of dog behavior [49],
it may affect also perception of emotions from dog facial expressions.
In this study, we investigated how humans estimate facial expressions of the non-human
species of dogs. The subjects rated the valence, arousal and six basic emotions [50] from
images of human and dog faces. The effects of background factors as personality [51], empathy
[52], animal-directed empathy [48] and experience of dog behavior were also assessed, and the
subject response times were measured.
Our study had two main aims. The first aim was to characterize how human observers
detect and rate affect in dog negative, positive and neutral facial expressions in comparison
with human expressions and ambiguous non-emotional stimuli, and which discrete emotions
are reported in the expressions. The second aim was to clarify the effect of psychological fac-
tors (empathy, personality and experience in dog behavior) on the subjects’ ratings. To refine
the latter, we were interested in 1) whether the psychological factors affect the intensity of
valence and arousal ratings of dog and human facial expressions, 2) whether the psychological
factors affect the happiness ratings of Pleasant Dog and Human faces similarly, and 3) whether
the psychological factors affect the anger/aggressiveness ratings of Threatening Dog and
Human faces similarly.
Based on a previous study [9], we predicted that human subjects evaluate the Pleasant and
Threatening facial expressions of dogs similarly to the facial expressions of humans, associat-
ing Pleasant expressions mostly with happiness and Threatening expressions mostly with
anger/aggressiveness. Furthermore, based on empathy [33–36] and personality [42–45] affect-
ing the perception of human facial expressions, we expected the evaluation of dog facial
expressions to be likewise affected by these psychological factors. In particular, we expected
the subjects with higher emotional empathy to evaluate happiness higher in Pleasant and
anger/aggressiveness in Threatening faces (based on [33–36]); subjects with higher extraver-
sion to evaluate Pleasant faces as happier and subjects with high neuroticism to evaluate
Threatening faces as more angry/aggressive (based on [42–45]). Additionally, based on previ-
ous studies [9,26,28,53], we expected that dog expertise may have a moderate effect on evaluat-
ing dog facial expressions.
Materials and Methods
Ethics statement
The study had a prior approval by the ethics committee of Aalto University (approval in the
Board Meeting held on the 6th of March, 2014), and investigation was conducted according to
the principles expressed in the Declaration of Helsinki. All study participants gave their written
informed consent prior to the experiment.
Subjects
Altogether 34 healthy volunteers participated in the experiment: 15 males and 19 females aged
25–46 years, 37 ± 6 years (mean ± SD). Subjects had no known past or present neurological or
mental disorders and they were not compensated monetarily. All but one participant were
right-handed according to the Edinburgh Handedness Inventory [54]: on the scale from –1
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(left) to +1 (right), the mean ± SD score was 0.85 ± 0.28 (range from –0.60 to 1). In total, 26/34
subjects had had a dog in the family; 16/34 owned or had owned a dog/dogs that they were pri-
marily responsible for; and 15/34 subjects were active in dog-related hobbies (such as agility,
obedience training, or game hunting).
Stimuli
Stimuli comprised altogether 80 different images: 30 color photographs of dog faces (pre-cate-
gorized on the basis of the facial expression as Threatening Dogs × 10, Neutral Dogs × 10,
Pleasant Dogs × 10); 30 photographs of human faces (likewise pre-categorized as Threatening
Humans × 10, Neutral Humans × 10, Pleasant Humans × 10); and as additional controls, 10
images of general household Objects and 10 abstract Pixel images that were phase-scrambled
from the neutral dog faces. In all human categories, half of the images represented female
and half male actors; both human and dog faces were of unfamiliar adults, and both human
and dog images were manipulated to contain only the face, fur around the face, and ears. A
between-actor design of stimuli (one actor per image) was employed; altogether, 30 human
and 30 dog actors were depicted, 10 in each different emotional category. The dog images rep-
resented altogether 24 breeds + 2 mongrels.
Since human empathy and mental state attribution generalizes toward animals [47,55] as
well as inanimate categories such as objects, fruits or ambiguous stimuli (e.g [56,57,58]), the
inanimate categories of Objects and Pixels served as additional controls. Objects and phase-
scrambled images are the most widely utilized controls in the study of human face perception:
objects since they provide a category that humans see in their daily life about as often as faces
of other people and phase-scrambled images as they provide a well-controlled physiological
match to the stimuli (see e.g. [59,60–62]). Both of these inanimate categories function here as
an important informant of the generalization effects of personality and empathy.
The human facial images were acquired from royalty-free online sources (e.g. BigStockTM,
123RF1), dog facial images from online sources and from photographer Aino Pikkusaari, and
object images (e.g. a toaster, a coffee maker, a wall clock, a backpack) from the BOSS database
[63]. The face stimuli were characterized with facial action coding system (FACS, [64]) and
dog-FACS [8], and they were first used in a study examining dogs’ gazing patterns; for more
details of the human and dog faces, see [12].
Stimulus presentation
Stimuli were displayed on a 14” LCD laptop screen from a normal viewing distance, were
approximately 15 x 16 cm2 in size, and were overlaid on a gray background. They were pre-
sented in a pseudorandomized order (with no more than three subsequent images belonging
to the same category), and the stimulus presentation was controlled with Presentation1 soft-
ware (http://nbs.neuro-bs.com/) running a script that recorded both the subject response and
the response time. Each image was shown until the subject had responded to all questions (see
below), and the next image followed immediately after.
Subject task: rating facial expressions
Each subject performed the experiment individually in a standard office room. They were
informed that they would see different images containing human and dog faces, objects and
abstract pixel images. They were instructed to explore the images freely and, for each image, to
estimate how the target in the image is feeling or what is the emotional state of the target. The
subjects were explained that there were no right answers but that we were interested in their
subjective opinions and ratings.
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Before the actual experiment, each subject completed a practice session rating four images
that were not part of the actual experiment (a dog face, a human face, an object and a pixel
image) and confirmed they had understood their task and the procedure. To give the subject
full privacy for the task, the experimenter left the room and waited outside during the
experiment.
For every image, eight different questions appeared at the bottom of the screen, one at a
time, and the subject answered each question by pressing keyboard numeral buttons 1–7.
After the subject had pressed a button to answer, the next question appeared on the screen,
and after answering all the questions the next image appeared. No time limit was set, thus the
subjects could spend however long they wanted at each image/question, but they were encour-
aged to answer according to their first impressions.
Questions 1 and 2 sampled the valence and arousal of the images (1. Valence rating;
1 = very negative, 7 = very positive; 2. Arousal rating; 1 = not arousing, 7 = highly arousing)
and they were always presented first and in the same order. The subsequent questions 3–8 con-
sidering the basic, discrete emotional expressions of happiness, sadness, surprise, disgust, fear
and anger/aggression (e.g. How much happiness does the image contain? 1 = not at all, 7 =
very much) were presented in a randomized order. Generally, subjects answered one question
in 3 ± 1 s (mean ± SD). The rationale to rate all the six basic emotions instead of e.g. only hap-
piness and aggressiveness was to obtain a larger variance larger variance in reporting what was
perceived, regardless of what is depicted. To illustrate the variety of possible emotions people
may attribute to the faces, subjects browsed through the stimulus images, printed on paper,
once more at the end of the experiment. They could write in the print images and indicate if
they had thought some of the stimuli represented another emotion than the six rated in the
experiment. In total, the rating task lasted about 0.5–1 hours, and the experiment in total
about 1.5 hours.
Behavioral questionnaires
After observing and rating the stimuli, the subjects completed several questionnaires: the Big
Five Inventory [51] sampling their personality; the Interpersonal Reactivity Index (IRI, [52])
sampling their general human-directed empathy; and animal-directed IRI [48] sampling their
animal-directed empathy. The Big Five (BFI) includes five different personality factors: Extro-
vertism, Neuroticism, Agreeableness, Openness and Conscientiousness, of which we focused on
the first two due to their pre-established role in emotion detection [65]. Interpersonal Reactiv-
ity Index (IRI) samples four factors of empathic abilities: Perspective-taking and Fantasy Scale
sampling cognitive empathy (the ability to cognitively reason the viewpoint of another person
without necessarily sharing the emotion), and Emotional Concern and Personal Distress sam-
pling emotional empathy (sharing the emotion and experiencing concern of another’s wellbe-
ing). On the basis of previous literature [33] and to include both cognitive and emotional
factors in the study, we focused on cognitive empathy factor Perspective-taking and emotional
empathy factor Emotional Concern as the main features affecting emotion detection. Finally,
the animal-directed IRI comprise the Perspective-taking (ani-PT) and Emotional Concern (ani-
EC) subscales that were previously re-worded from IRI to concern animals [48]: the first one
samples the cognitive perspective-taking abilities (cognitive empathy) of humans toward ani-
mals, and the second one samples the affective emotional concern (emotional empathy) of
humans toward animals. Both of the subscales were included in our analyses.
Additionally, the subjects answered questionnaires concerning their interest and experience
of dogs: self-rated dog experience (referred to as Expertisemeasure) in a Visual-Analogue Scale
(sampling e.g. the experience in identifying dog behavior; questions 1–4 in S1 Table) as well as
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quantified dog exposure (Exposure measure) related to dogs in a 3–5 point multiple choice scale
(sampling e.g. ownerships of dogs; questions 1–6 in S2 Table).
Statistical analysis
Data were analysed with random-intercept Generalized Linear Mixed Models (GLMM) by
using Stata1 14 (xtmixed function, www.stata.com; StataCorp LP, Texas, USA). The cluster-
ing variable was the subject, taking into account the non-independence of ratings made by the
same subject; age and gender were included as fixed effects, and the models were estimated
with maximum likelihood method. The variable selection was based on the hypotheses made
on the basis of previous literature [9,26,28,33–36,42–45,53].
Subject-rated valence, arousal, and discrete emotions (happiness, sadness, surprise, disgust,
fear and anger/aggression) were included as outcome variables, and stimulus categories (Pleas-
ant Dogs, Neutral Dogs, Threatening Dogs, Pleasant Humans, Neutral Humans, Threatening
Humans, Objects, Pixels) were included as predictor variables. To obtain the profile of emo-
tions rated in the dog and human facial expressions, the difference between the emotion rat-
ings (happiness, sadness, surprise, disgust, fear, anger/aggressiveness) was calculated for the
Pleasant Dog, Neutral Dog, Threatening Dog, Pleasant Human, Neutral Human and Threat-
ening Human expressions. To obtain the comparison of emotions rated for the dog expres-
sions and other stimuli, the difference between the dog expressions (Pleasant Dog, Neutral
Dog and Threatening Dog) and other stimulus categories (Pleasant Human, Neutral Human,
Threatening Human, Object, Pixel) was also calculated for each of the emotion ratings (happi-
ness, sadness, surprise, disgust, fear, anger/aggressiveness).
Finally, connection of the psychological factors (personality, empathy and expertise)
with the subject ratings (arousal, valence, happiness and anger/aggressiveness of the facial
expression stimuli) were assessed by including Extraversion, Neuroticism, Perspective-taking,
Empathic concern, Animal-directed empathic concern (ani-EC), Animal-directed perspective-tak-
ing (ani-PT), Expertise and Exposure as the predictor variables. Similar GLMM model was run
for clarifying connections of the psychological factors and the subject response time in rating
stimulus valence; since the question of valence was always presented first, we used that as a
proxy of the reaction time.
All the results were subjected for corrections of multiple corrections with the false discovery
rate (FDR) method [66]; according to the specific hypotheses laid down according the previous
literature not using this method (e.g. [33,36]) also the original results are given. The original
data can be found in S1 Dataset.
Results
Differences of valence and arousal ratings between stimulus categories
Valence. Fig 1 illustrates that generally human faces were rated as more positive than dog
faces except with neutral expressions, where dog faces were rated as more positive (Fig 1). All
results given for valence and arousal survived the correction for multiple comparisons.
Between the dog categories, Pleasant Dogs were rated as more positive than Neutral or
Threatening Dogs (β = 1.22, p< 0.000 and β = 3.30, p< 0.000, respectively), and Neutral Dogs
as more positive than Threatening Dogs (β = 2.08, p< 0.000). Between dog vs. human faces,
Pleasant Humans were seen as more positive than Pleasant Dogs (β = 0.54, p< 0.000), Neutral
Dogs more positive than Neutral Humans (β = 0.18, p< 0.05), and Threatening Dogs more
negative than Threatening Humans (β = 0.71, p< 0.000).
As Fig 1 shows, the valence of Objects and Pixels were rated very similarly than Neutral
Dogs and Humans (Fig 1). Objects were seen as more negative than Pleasant Dogs and more
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positive than Neutral or Threatening Dogs (β = 0.96, p< 0.000; β = 0.26, p< 0.01 and β =
2.34, p< 0.000, respectively). Pixels were rated as more negative than Pleasant and more posi-
tive than Threatening Dogs (β = 1.22, p< 0.000 and β = 2.07, p< 0.000, respectively), but the
valence of Pixels did not differ from Neutral Dogs (β = 0.00; p = 0.970).
Arousal. Fig 1 shows that Threatening faces of both species elicited highest arousal, fol-
lowed by pleasant and neutral faces; arousal elicited by Pixels or Objects was close to none (Fig
1). Between dog categories, Threatening Dogs were seen as more arousing than Pleasant or
Neutral Dogs (β = 2.24, p< 0.000; β = 2.80, p< 0.000, respectively), and Pleasant Dogs more
arousing than Neutral Dogs (β = 0.56; p< 0.000). Between dog vs. human faces, Pleasant
Humans were rated as more arousing than Pleasant Dogs (β = 0.87, p< 0.000), Neutral Dogs
more arousing than Neutral Humans (β = 0.37, p< 0.000), and Threatening Dogs as more
arousing than Threatening Humans (β = 0.69; p< 0.000).
All dog categories were rated as more arousing than Objects or Pixels (For all comparisons,
β> 1.13, p< 0.001).
Range of discrete emotions seen within dog facial expressions and
between dog vs. other categories
Ratings of discrete emotions on the facial expressions of dogs followed similar patterns than
ratings of humans’ equivalent facial expressions, but the ratings of Pixels and Objects were
clearly different from these (Fig 2).
For Pleasant Dogs, happiness was rated higher than the other discrete emotions, whereas
disgust and anger/aggression was rated lower than the others (Table 1). Vice versa, for Threat-
ening Dogs, anger/aggression was rated higher than the other emotions, and happiness
was rated lowest. By contrast, Neutral Dog faces were more uniformly scored and received
higher scores on sadness than other emotions. Ratings of human facial expressions were very
similar; Pleasant Humans were rated highest on happiness, Threatening Humans on anger/
Fig 1. Valence and arousal ratings. Positioning of the subject ratings of human, dog, object and pixel stimuli on the classical valence (x-axis;
1 = negative, 7 = positive) and arousal (y-axis; 1 = low arousal, 7 = high arousal) dimensions. Left: Subject grand mean ratings with SEM, Right:
Individual subject mean ratings of each category. PH = Pleasant Humans, PD = Pleasant Dogs, NH = Neutral Humans, ND = Neutral Dogs,
TH = Threatening Humans, TD = Threatening Dogs, PI = Pixels, OB = Objects.
doi:10.1371/journal.pone.0170730.g001
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aggressiveness and Neutral Humans on sadness (all regressions of discrete emotions in human
expressions are available in S3 Table).
Pleasant Dogs were rated higher on happiness than Neutral or Threatening Dogs, but Pleas-
ant Humans were rated even happier than Pleasant Dogs (Table 2). Sadness was rated higher
in Neutral Dogs vs. Pleasant or Threatening Dogs, but Neutral Humans were rated higher in
sadness than Neutral Dogs. Surprise, disgust, fear and anger were rated higher in Threatening
vs. Pleasant or Neutral Dogs, and fear and anger were also rated higher in Threatening Dogs
than Threatening Humans.
Psychological factors affecting the responses for stimulus arousal,
valence, happiness and anger/aggressiveness
The emotional empathy factor Emotional Concern (EC) covaried negatively with the valence
ratings of Threatening Dogs, Threatening Humans, and Pleasant Humans, and positively with
the arousal ratings of Threatening Dogs (see all regression coefficients in Table 3). Further-
more, Emotional Concern was positively associated with anger/aggressiveness ratings of
Fig 2. Discrete emotion ratings. Subject ratings of happiness, sadness, surprise, disgust, fear and anger / aggressiveness (on a scale from 1
(min) to 7 (max) for all the stimulus categories (Pleasant Humans, Pleasant Dogs, Neutral Humans, Neutral Dogs, Threatening Humans,
Threatening Dogs, Pixel, and Object (Mean ± SEM)).
doi:10.1371/journal.pone.0170730.g002
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Threatening Humans and Threatening Dogs, as well as with happiness ratings of Pleasant
Humans. Animal-directed Emotional Concern (aniEC) covaried similarly with anger/aggres-
siveness of Threatening Dogs, but not with other factors.
The cognitive empathy factor Perspective-taking had no connections to ratings of dog
expressions (Table 3). It covaried negatively with valence of Threatening Humans and the
Table 1. Differences of emotion ratings within dog expressions. Planned comparisons of the subject ratings of discrete emotions (Emotion 1 vs. Emotion
2) for each of the dog expression categories. Significant differences are marked on the beta values with asterisks (*p < 0.05, **p < 0.01, ***p < 0.001) and
the results with p-values above the FDR threshold are written in bold type.
Stimulus
Emotion 1 Emotion 2 Pleasant Dogs Neutral Dogs Threatening Dogs
Happiness Sadness 2.55*** –0.38* –0.45***
Happiness Surprise 1.79*** 0.12 –1.45***
Happiness Disgust 2.89*** 0.49** –2.38***
Happiness Fear 2.68*** 0.17 –2.69***
Happiness Anger/Aggression 2.84*** 0.44*** –4.54***
Sadness Surprise –0.76*** 0.49** –1.00***
Sadness Disgust 0.34*** 0.87*** –1.92***
Sadness Fear 0.14 0.54*** –2.23***
Sadness Anger/Aggression 0.29*** 0.82*** –4.09***
Surprise Disgust 1.10*** 0.37** –0.92***
Surprise Fear 0.89*** 0.05 –1.23***
Surprise Anger/Aggression 1.05*** 0.32** –3.09***
Disgust Fear –0.21** –0.32** –0.31
Disgust Anger/Aggression –0.05 –0.05 –2.16***
Fear Anger/Aggression 0.16** 0.27** –1.85***
In the free elaboration, where subjects could indicate another emotion than the above six, the following descriptions for individual dog stimuli were given:
Pleasant Dogs: excited, satisfied, playful, observant; Neutral Dogs: tense, attentive, alert, stressed, determined, shy, doubtful, tired, humble, bored,
disappointed, thoughtful, concentrated, reserved, submissive, embarrassed, content, observant; Threatening Dogs: grimacing, mischief, yawning,
defensive.
doi:10.1371/journal.pone.0170730.t001
Table 2. Difference of emotion ratings between stimuli. Planned comparisons of the subject ratings of discrete emotions between dog expressions and
other stimulus categories (Stimulus 1 vs. Stimulus 2). Ratings were compared between dog expressions, dog vs. human expressions, and dog expressions
vs. objects and pixels. Significant differences are marked on the beta values with asterisks (*p < 0.05, **p < 0.01, ***p < 0.001) and the results with p-values
above the FDR threshold are written in bold type.
Emotion
Stimulus 1 Stimulus 2 Happiness Sadness Surprise Disgust Fear Anger/Aggression
Pleasant Dogs Neutral Dogs 2.04*** –0.89*** 0.36*** –0.36*** –0.48*** –0.36***
Pleasant Dogs Threatening Dogs 2.82*** –0.18 –0.43* –2.45*** –2.55*** –4.56***
Neutral Dogs Threatening Dogs 0.78*** 0.71*** –0.79*** –2.09*** –2.07*** –4.20***
Pleasant Dogs Pleasant Humans –1.29*** 0.08 –0.08 –0.01 0.07 0.03
Neutral Dogs Neutral Humans 0.28** –0.24 0.36*** –0.31*** 0.02 –0.06
Threatening Dogs Threatening Humans –0.31*** –0.35** 0.06 –0.31 1.24*** 1.25***
Pleasant Dogs Objects 2.40*** 0.27** 0.98*** 0.04 0.18* 0.00
Neutral Dogs Objects 0.37** 1.16*** 0.62*** 0.40*** 0.65*** 0.36***
Threatening Dogs Objects –0.41*** 0.46*** 1.41*** 2.49*** 2.73*** 4.56***
Pleasant Dogs Pixels 2.85*** 0.04 1.04*** –0.02 0.04 –0.04
Neutral Dogs Pixels 0.81*** 0.93*** 0.68*** 0.34*** 0.52*** 0.33***
Threatening Dogs Pixels 0.03 0.22 1.46*** 2.43*** 2.59*** 4.52***
doi:10.1371/journal.pone.0170730.t002
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arousal ratings of the inanimate Object and Pixel categories. Perspective-taking also covaried
positively with the happiness ratings of Pleasant Humans as well as anger/aggressiveness rat-
ings of Threatening Humans. Animal-directed Perspective-taking (ani-PT) had no connection
to the ratings.
The personality factor extraversion covaried positively with the anger/aggressiveness ratings
of Neutral Humans, and neuroticism had a negative connection with a number of ratings: the
arousal ratings of Neutral Humans and Dogs; the happiness ratings of Pleasant and Neutral
Humans; and the anger/aggressiveness ratings of Neutral Humans and Dogs.
Self-rated dog experience (Expertise) covaried positively with the arousal ratings of Pleasant
Dogs and happiness ratings of Neutral Dogs, and the quantified dog exposure (Exposure) covar-
ied with the valence ratings of Neutral Dogs.
As side findings, minor connections (with no specific hypotheses and surviving no correc-
tions for multiple comparisons) were found with the ratings of valence and arousal and subject
age or gender. Older subjects rated Happy Humans and Dogs as higher in arousal (β = 0.38,
p< 0.05; β = 0.48, p< 0.01, respectively); Neutral Dogs as more positive in valence, and Pixels
more negative in valence (β = 0.35, p< 0.05; β = –0.35, p< 0.05) than younger subjects.
Female subjects rated Aggressive Dogs and Pixels more negative than males (β = –0.36, p<
0.05; β = –0.37, p< 0.05). However, none of these results survived the multiple comparison
Table 3. Connections of psychological factors to the stimulus ratings. Ratings of arousal, valence, happiness and anger/aggressiveness were pre-
dicted with Extraversion (Ex), Neuroticism (Neur), Emotional Concern (EC), Perspective-taking (PT), animal-directed Emotional Concern (aniEC) and animal-
directed Perspective-taking (aniPT) factors. Connections of dog stimulus ratings with dog experience were obtained with dog expertise (Expe) and dog expo-
sure (Expo) predictors. Significant regression coefficients (beta values) are marked with asterisks (*p < 0.05, **p < 0.01, ***p < 0.001) and the results with p-
values above the FDR threshold are written in bold type.
Empathy Animal empathy Personality Dog expertise
Rating Stimulus EC PT aniEC aniPT Ex Neur Expe Expo
Valence Pleasant Humans 0.04* 0.01 0.01 0.00 0.05 0.00
Pleasant Dogs 0.03 0.00 0.02 0.00 0.13 0.23 0.00 0.03
Neutral Humans –0.01 –0.01 0.00 0.01 0.00 0.07
Neutral Dogs 0.02 –0.01 0.01 0.02 0.18 0.11 0.00 0.03*
Threatening Humans –0.07** –0.06* –0.02 0.02 0.04 0.08
Threatening Dogs –0.05** –0.01 –0.02 0.02 0.09 –0.16 0.00 –0.01
Object –0.01 –0.01 –0.01 –0.01 –0.03 0.07
Pixel –0.01 –0.01 0.00 –0.02 –0.10 0.01
Arousal Pleasant Humans 0.04 –0.01 –0.01 –0.02 0.25 –0.40
Pleasant Dogs 0.01 –0.06 0.03 0.01 0.39 –0.07 0.00* 0.03
Neutral Humans –0.01 –0.02 0.00 0.02 0.41 –0.53***
Neutral Dogs –0.01 –0.06 0.02 0.03 0.53 –0.52* 0.00 0.02
Threatening Humans 0.08 0.04 0.01 –0.06 0.07 –0.36
Threatening Dogs 0.07*** –0.02 0.02 –0.04 –0.10 0.13 0.00 0.02
Object –0.04 –0.07* –0.03 0.01 0.20 –0.03
Pixel –0.01 –0.05* –0.01 0.03 0.24 0.05
Happiness Pleasant Humans 0.09*** 0.08** 0.02 0.00 0.10 –0.34*
Pleasant Dogs 0.07 0.05 0.04 0.07 0.36 –0.25 0.00 0.04
Neutral Humans 0.01 0.03 0.01 0.00 –0.05 –0.20*
Neutral Dogs 0.03 0.00 0.02 0.04 0.30 –0.17 0.00* 0.03
Anger/ Aggressiveness Threatening Humans 0.12*** 0.12*** 0.02 –0.01 –0.08 –0.30
Threatening Dogs 0.08** 0.06 0.04* 0.01 –0.11 0.05 0.00 0.02
Neutral Humans 0.02 0.01 0.02 0.03 0.24* –0.24
Neutral Dogs 0.02 0.00 0.02 0.02 0.10 –0.23* 0.00 0.01
doi:10.1371/journal.pone.0170730.t003
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correction with FDR, and we had no specific hypotheses about them, thus they are reported
here as additional information only.
Additionally, we assessed the connections of subject response times to valence ratings
(which were always asked first for each image). The response times covaried negatively with
Emotional Concern factor in rating Pleasant Humans, Neutral Dogs, Threatening Humans and
Threatening Dogs, thus the responses for these were quicker in subjects with high emotional
empathy than those with lower emotional empathy (Table 4). Animal-directed Emotional Con-
cern showed a similar negative covariation, but only with rating Threatening Humans.
Discussion
Human recognition of emotions from dog faces
The ratings of both species followed a very similar pattern, suggesting the same face perception
[67–69] and affective mechanisms [70] to be engaged in the evaluation. As expected, the Pleas-
ant faces of both humans and dogs were rated as positive with moderate arousal; Threatening
faces were rated as negative with high arousal, and the inanimate Object and Pixel categories
were rated as neither positive nor negative, with very little arousal. In addition to the valence
and arousal ratings, we collected the subjects’ ratings of the basic discrete emotions seen in the
facial expressions to gather a variability of how people generally perceive the expressions.
Although the subjects had a range of possibilities, our data confirm that the subjects observed
the Pleasant Dog and Human faces as happy, Neutral Dog and Human faces not high in any
emotion but as slightly sad, and Threatening Dog and Human faces as angry/aggressive. The
ratings are in line with the well-known literature on human faces (e.g. [71]), and they also
agree with a previous study by Schirmer and colleagues [9], who showed that positive and neg-
ative expressions of dogs are discriminated as accurately as those of human children.
We also observed a conspecific bias in Pleasant, and a non-conspecific bias in Threatening
expressions: Pleasant Humans were rated happier than Pleasant Dogs and Threatening Dogs
more aggressive than Threatening Humans. Since we do not have the subjective emotion rat-
ings from the model dogs and humans within the stimuli, we cannot reflect on the full accu-
racy of these estimates. However, the results are ecologically meaningful, demonstrating the
more positive value of the conspecifics, and generally reflecting a threat from non-conspecifics
as of high concern. Our recent eye-tracking results on dogs with the same set of stimuli also
showed a species-specific bias: dogs tended to avoid the Threatening Human faces [12]. We
interpreted the result as likely resulting from the appeasing behavior of dogs, but the current
human data suggests a more general mechanism in perceiving non-conspecific threat may also
Table 4. Connections of psychological factors to the response times in rating stimulus valence. Response times for valence estimation were tested
with Emotional Concern (EC), Perspective-taking (PT), animal-directed Emotional Concern (aniEC) and animal-directed Perspective-taking (aniPT), Extraver-
sion (Ex) and Neuroticism (Neur). Connections of dog stimuli with dog experience were obtained with dog expertise (Expe) and dog exposure (Expo) mea-
sures. Significant regression coefficients (beta values) are marked with asterisks (*p < 0.05, **p < 0.01, ***p < 0.001).
Empathy Animal empathy Personality Dog expertise
Stimulus EC PT aniEC aniPT Ex Neur Expe Expo
Pleasant Humans -1336** -1043 -941 1317 8711 -3664
Pleasant Dogs -451 114 -621 1275 8974 -6917 3 70
Neutral Humans -1139 -847 -980 1123 8492 -9091
Neutral Dogs -1934** -949 -704 1545 4839 -4728 26 562
Threatening Humans -2313** -1441 -1226* 1041 8372 -4432
Threatening Dogs -2423** -734 -1096 1851 9579 -6581 23 704
Object -1863 -1428 -1569 876 5412 110
Pixel -734 -886 -533 2340 13730 -6791
doi:10.1371/journal.pone.0170730.t004
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play a part. Alternatively, Threatening Dogs were rated here as more arousing than Threaten-
ing Humans, which may affect the species-specific bias in both humans and dogs. Investigating
the effect further in the future would benefit from more precise brain imaging methods.
Although Threatening Dog faces were rated highest on aggression, they were also estimated
as somewhat fearful and disgusted. Since the situation in which our stimuli were photographed
is unknown and dog aggression is often exhibited in fearful situations [72], it is likely that
some of the images of Threatening Dogs capture also fear. However, disgust provoked by a dis-
liked taste represents a rather distinct emotion from aggression. Previously, a dog facial expres-
sions filmed in a situation likely to provoke disgust (obtaining a medicine) received higher
ratings of both anger and sadness than disgust from the human observers [27]. Additionally,
aggression appears to be badly recognized from videos of dog behavior by humans, and con-
fused with other emotions [24]. The expression of disgust appears differently recognizable
from other basic emotions in dogs, since only 34–54% of dog owners report having seen the
expression of disgust in dogs, whereas other basic emotions are reported by 65%–100% of dog
owners [15,16]. Together, these findings propose that disgust presented by a dog facial expres-
sion is quite difficult for humans to detect, and it is easily confused with aggression.
Influence of psychological factors on emotion evaluation
Our results show that the perception of emotion from dog faces—as well as from human faces
—is a multifaceted phenomenon, influenced by psychological factors of the observers. We
found that subjects’ empathy, personality and experience affected the estimation of emotions.
Emotional empathy (emotional concern, EC) had the clearest influence on estimations, covary-
ing both with Threatening facial expressions of both species and Pleasant human facial expres-
sions, but importantly, never with the Neutral faces nor the inanimate Objects or Pixels.
Subjects with higher EC also made these valence judgments spontaneously quicker, although it
should be noted that we measured response time instead of reaction time. Animal-directed
emotional concern (aniEC) mimicked the connection of general EC regarding anger/aggres-
siveness ratings of Threatening Dogs, and it similarly lead to quicker responses in evaluating
Threatening Humans. Recently, emotional empathy has been found to enhance the accuracy
[33,34] and speed [73] of recognizing human emotional expressions. In addition, the ratings of
emotion intensity also correlate positively with the emotional empathy of the rater [36]. Our
results strongly agree with the previous literature, broadening the effect of subject’s emotional
empathy also to estimation of emotion from dog facial expressions.
Many of the previous studies have only explored the effect of emotional empathy on emo-
tion estimation, but we also studied the possible effect of cognitive empathy. The subjects’
cognitive empathy (perspective-taking) correlated positively with the estimated happiness of
Pleasant Humans and anger of Threatening Humans, and negatively with the valence of
Threatening Humans, but had no connection to the ratings of dog facial expressions. In agree-
ment with this, a previous study found a connection between cognitive empathy and the accu-
racy of estimating human emotions [74]. Interestingly, we also found that the higher was the
cognitive empathy of the subject, the less arousal she/he estimated in the inanimate Object and
Pixel categories. A previous study has suggested that general empathy affects evaluation of
abstract visual stimuli [58], but our data do not support this. Instead, our results suggest that
cognitive empathy can fine-tune the estimation of emotions from human faces, but cognitive
empathy also has a “reality check” effect on considering inanimate objects’ emotions, provid-
ing one with the ability to separate one’s own emotions from those of another. Importantly,
cognitive empathy was not connected to evaluating emotional states of dogs, suggesting either
that emotional empathy is more functional when considering the inner states of non-humans,
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or that cognitive perspective-taking is ill-equipped for considering the perspective of a living
creature with a likely different mental construct.
Previously, personality factor extraversion has been connected to amygdala activation dur-
ing observation of positive images and happy human faces and neuroticism during observation
of negative images [43,44]. In our data, we found personality effects on estimating emotions
from the Pleasant and Neutral face categories: the higher were the extraversion scores of the
subject, the higher they rated the anger/aggressiveness of Neutral Humans, and the higher the
neuroticism scores, the smaller they rated the arousal and anger/aggressiveness of Neutral
Human and Dog faces, as well as happiness of Pleasant and Neutral Humans. Although the
extraversion connection to higher anger/aggressiveness ratings was unexpected considering
the previous findings of its connections to higher ratings of happy faces [42], the results were
more plausible when put together with the neuroticism connections. Here, the enthusiasm of
the extraversion and suspiciousness of the neuroticism appeared to consider the subject task
much more than the actual stimuli. In other words, the subjects higher in neuroticism tended
to ponder the questions regarding the ambiguous Neutral faces rather critically (“It is probably
meant to be happy but I don’t think it is so happy” or “It is probably meant to be angry but I
don’t think it is so angry”), whereas the subjects higher in extraversion did not take it so seri-
ously (“Anger? Well, maybe it is somewhat angry”). Thus, the findings are in line with the con-
nection of extraversion and neuroticism to the view of the world: the former had positive and
the latter negative application of the task to the ratings of the faces.
Does dog expertise affect judging emotion from dog facial expressions?
In addition to the more basic psychological factors, we were also interested in how the attitudes,
experience and education in dog behaviour affect the estimation of dog emotional expressions.
Our subjects having more experience or exposure on dogs estimated the Neutral Dogs as more
positive and happier, and the Pleasant Dogs as having higher arousal than did the less experi-
enced subjects, but experience did not affect judging aggressiveness of Threatening Dogs. In
line with this, previous studies also suggest that experience on dogs is not necessary for being
able to detect basic facial expressions of dogs [9,27]. However, experienced subjects have rated
aggressive dog faces as less aggressive previously [27], which perhaps taps the same phenome-
non as witnessed in our study: people experienced with dogs generally have a more positive
attitude towards dogs, which surfaces when estimating emotions from dog facial images. Alter-
natively, the expressions of positive emotions in dogs may be subtle and especially positive and
relaxed states of dogs are difficult for dog owners to describe [22], thus people with higher expe-
rience with dogs may better recognize relaxed, non-threatening expressions.
Although experience and knowledge appear to have little effect on detection of dogs’ basic
facial expressions, they affect the interpretation of dog behaviour in more complex situations
involving the whole animal and probably with the combination of different bodily gestures. In
our previous study, people experienced with dogs had similar brain activations to observing
interacting dogs and interacting humans, whereas in lay people, the activation was specific to
interacting humans [28]. Highly experienced dog trainers can also judge the fear of dogs from
whole-body videos more accurately than lay people or even dog owners [26]. Recent studies
also suggest that a combination of dog expertise, empathy and general sensitivity for nonverbal
behaviour may affect human interpretation of dog behaviour [49,75].
Biological similarity, anthropomorphism or experience?
The current data shows that the human evaluations of dog and human emotional expressions
are influenced by the evaluator’s psychological factors, but the accuracy of the emotion
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estimation is a more complex question regarding emotional expressions of non-humans, and
beyond the scope of the current study. When studying humans, persons photographed for the
stimuli can be asked to rate their emotions in the same scale than used later by the observers,
and match these two answers. However with animals, this is not possible, and it is difficult to
label the animal’s exact subjective emotion and estimate its intensity with certainty. Furthermore,
we should be also aware of the human social cognition machinery that affects our perception of
living creatures as well as constructs with artificial intentionality (see e.g. [76,77]). Thus, in study-
ing animal emotions, it is important to ask: Where lies the border between comprehending the
actual biological similarities of other species and merely extending human-centered anthropo-
morphism, provoked by the human social cognition machinery, to non-human species?
Reading emotions from the faces of non-conspecifics are likely to be based on detecting the
gestural cues of facial muscles of the other—probably in the same manner as from conspecifics
humans, and powered by the same underlying cognitive machinery including face perception
[67–69] and affective responding [70]. Likewise, humans utilize similar cues in assessing valence
from both dog and human vocalizations [78]. However, the dimensions of faces differ between
the species and the function of facial muscles of non-conspecifics may not match their equiva-
lent function in the human face, thus giving space for anthropomorphic interpretations. In
these cases, one would expect the knowledge of dog behavior to affect the judgments, since peo-
ple tend to anthropomorphize more in situations where they have very little educational knowl-
edge of the actor, and/or they have a high need to establish social connections [79].
Indeed, lay people tend to give more anthropomorphic descriptions of dog behavior than
do dog-experienced people [80,81] although the effect is not always clear [24]. Nevertheless,
according to the previous and our results, reading the basic facial expressions of dogs are gen-
erally agreed on with dog experts and lay people with only minor deviations, suggesting that
anthropomorphic interpretations are maybe more prominent when considering secondary
emotions or the body expression of a whole animal instead of just the face.
In conclusion, our current research shows that human subjects classify dog facial expres-
sions of the pleasant-threatening axis much in the same manner than human facial expres-
sions, and more importantly, the estimation of emotions in both species are affected mainly by
the same psychological variables. Emotional empathy affects both the speed and intensity of
rating dogs’ emotional facial expressions, and experience with dogs biases positively evaluation
of dogs’ non-threatening emotional expressions.
Supporting Information
S1 Table. Dog expertise. Self-rated dog expertise questionnaire, answered as a visual-analogue
scale from 0 to 100.
(DOCX)
S2 Table. Dog exposure and hobbies. Questionnaire answered as a 3–5 point closed-end mul-
tiple choice scale.
(DOCX)
S3 Table. Discrete emotions rated within human expressions. Planned comparisons of the
subject ratings of discreet emotions in different human expressions. Significant differences are
marked on the beta values with asterisks (p< 0.05, p< 0.01, p< 0.001).
(DOCX)
S1 Dataset. The supporting data including empathy, personality and expertise scores and
emotion ratings.
(XLSX)
Human Psychological Factors Affect Emotion Rating of Dog Faces
PLOS ONE | DOI:10.1371/journal.pone.0170730 January 23, 2017 14 / 18
Acknowledgments
We thank Katriina Tiira and Jan Kujala for the discussions on statistical analyses, and Heini




Formal analysis: MVK MJ.
Funding acquisition: MVK OV.
Investigation: MVK.
Methodology: MVK MJ SS.
Project administration: MVK.





Writing – original draft: MVK.
Writing – review & editing: MVK SS MJ OV LP.
References
1. Adolphs R. Recognizing emotion from facial expressions: psychological and neurological mechanisms.
Behav Cogn Neurosci Rev. 2002; 1: 21–62. PMID: 17715585
2. Hari R, Kujala MV. Brain basis of human social interaction: from concepts to brain imaging. Physiol Rev.
2009; 89: 453–479. doi: 10.1152/physrev.00041.2007 PMID: 19342612
3. Leopold DA, Rhodes G. A comparative view of face perception. J Comp Psychol. 2010; 124: 233–251.
doi: 10.1037/a0019460 PMID: 20695655
4. Tate AJ, Fischer H, Leigh AE, Kendrick KM. Behavioural and neurophysiological evidence for face iden-
tity and face emotion processing in animals. Philos Trans R Soc Lond B Biol Sci. 2006; 361: 2155–
2172. doi: 10.1098/rstb.2006.1937 PMID: 17118930
5. Grimm D. Dawn of the dog. Science. 2015; 348: 274–279. doi: 10.1126/science.348.6232.274 PMID:
25883337
6. Thalmann O, Shapiro B, Cui P, Schuenemann VJ, Sawyer SK, Greenfield DL, et al. Complete mito-
chondrial genomes of ancient canids suggest a European origin of domestic dogs. Science. 2013; 342:
871–874. doi: 10.1126/science.1243650 PMID: 24233726
7. Tomasello M, Kaminski J. Behavior. Like infant, like dog. Science. 2009; 325: 1213–1214. doi: 10.1126/
science.1179670 PMID: 19729645
8. Waller BM, Peirce K, Caeiro CC, Scheider L, Burrows AM, Kaminski J, et al. Paedomorphic facial
expressions give dogs a selective advantage. Plos ONE. 2013; 8: e82686. doi: 10.1371/journal.pone.
0082686 PMID: 24386109
9. Schirmer A, Seow CS, Penney TB. Humans process dog and human facial affect in similar ways. Plos
ONE. 2013; 8: e74591. doi: 10.1371/journal.pone.0074591 PMID: 24023954
10. Albuquerque N, Guo K, Wilkinson A, Savalli C, Otta E, Mills D. Dogs recognize dog and human emo-
tions. Biol Lett. 2016; 12: 20150883. doi: 10.1098/rsbl.2015.0883 PMID: 26763220
Human Psychological Factors Affect Emotion Rating of Dog Faces
PLOS ONE | DOI:10.1371/journal.pone.0170730 January 23, 2017 15 / 18
11. Mu¨ller CA, Schmitt K, Barber ALA, Huber L. Dogs can discriminate emotional expressions of human
faces. Curr Biol. 2015; 25: 601–605. doi: 10.1016/j.cub.2014.12.055 PMID: 25683806
12. Somppi S, To¨rnqvist H, Kujala MV, Ha¨nninen L, Krause CM, Vainio O. Dogs evaluate threatening facial
expressions by their biological validity—evidence from gazing patterns. Plos ONE. 2016; 11: e0143047.
doi: 10.1371/journal.pone.0143047 PMID: 26761433
13. Palagi E, Nicotra V, Cordoni G. Rapid mimicry and emotional contagion in domestic dogs. R Soc Open
Sci. 2015; 2: 150505. doi: 10.1098/rsos.150505 PMID: 27019737
14. Walker JK, McGrath N, Handel IG, Waran NK, Phillips CJC. Does owning a companion animal influence
the belief that animals experience emotions such as grief? Anim Welf. 2014; 23: 71–79.
15. Morris PH, Doe C, Godsell E. Secondary emotions in non-primate species? Behavioural reports and
subjective claims by animal owners. Cogn Emot. 2008; 22: 3–20.
16. Morris PH, Knight S, Lesley S. Belief in animal mind: does familiarity with animals influence beliefs
about animal emotions? Soc Anim. 2012; 20: 211–224.
17. Ekman P. Are there basic emotions? Psychol Rev. 1992; 99: 550–553. PMID: 1344638
18. Izard CE. Basic emotions, relations among emotions, and emotion-cognition relations. Psychol Rev.
1992; 99: 561–565. PMID: 1502277
19. Plutchik R. The nature of emotions. Am Sci. 2001; 89: 344–350.
20. Panksepp J. Affective Neuroscience: The Foundations of Human and Animal Emotions. Oxford:
Oxford University Press; 1998.
21. Wemelsfelder F, Hunter EA, Mendl MT, Lawrence AB. The spontaneous qualitative assessment of
behavioural expressions in pigs: first explorations of a novel methodology for integrative animal welfare
measurement. Appl Anim Behav Sci. 2000; 67: 193–215. PMID: 10736529
22. Buckland EL, Volk HA, Burn CC, Abeyesinghe SM. Owner perceptions of companion dog expressions
of positive emotional states and the contexts in which they occur. Anim Welf. 2014; 23: 287–296.
23. Lakestani NN, Donaldson M, Waran N. Interpretation of dog behaviour by children and young adults.
Anthrozoo¨s. 2014; 27: 65–80.
24. Tami G, Gallagher A. Description of the behaviour of domestic dog (Canis familiaris) by experienced
and inexperienced people. Appl Anim Behav Sci. 2009; 120: 159–169.
25. Pongracz P, Molnar C, Miklosi A, Csanyi V. Human listeners are able to classify dog (Canis familiaris)
barks recorded in different situations. J Comp Psychol. 2005; 119: 136–144. doi: 10.1037/0735-7036.
119.2.136 PMID: 15982157
26. Wan M, Bolger N, Champagne FA. Human perception of fear in dogs varies according to experience
with dogs. Plos ONE. 2012; 7: e51775. doi: 10.1371/journal.pone.0051775 PMID: 23284765
27. Bloom T, Friedman H. Classifying dogs’ (Canis familiaris) facial expressions from photographs. Behav
Process. 2013; 96: 1–10.
28. Kujala MV, Kujala J, Carlson S, Hari R. Dog experts’ brains distinguish socially relevant body postures
similarly in dogs and humans. Plos ONE. 2012; 7: e39145. doi: 10.1371/journal.pone.0039145 PMID:
22720054
29. Kerswell KJ, Bennett PJ, Butler KL. Self-reported comprehension ratings of dog behavior by puppy
owners. Anthrozoo¨s. 2013; 26: 5–11.
30. Decety J, Jackson PL. The functional architecture of human empathy. Behav Cogn Neurosci Rev.
2004; 3: 71–100. doi: 10.1177/1534582304267187 PMID: 15537986
31. de Waal FB. Putting the altruism back into altruism: the evolution of empathy. Annu Rev Psychol. 2008;
59: 279–300.
32. Davis MH. A multidimensional approach to individual differences in empathy. JSAS Catalog of Selected
Documents in Psychology. 1980; 10: 85.
33. Besel LDS, Yuille JC. Individual differences in empathy: The role of facial expression recognition. Pers
Indiv Differ. 2010; 49: 107–112.
34. Chikovani G, Babuadze L, Lashvili N, Gvalia T, Surguladze S. Empathy costs: Negative emotional bias
in high empathisers. Psychiat Res. 2015; 229: 340–346.
35. Kosonogov V, Titova A, Vorobyeva E. Empathy, but not mimicry restriction, influences the recognition
of change in emotional facial expressions. Q J Exp Psychol (Hove). 2015; 68: 2106–2115.
36. Allen-Walker L, Beaton AA. Empathy and perception of emotion in eyes from the FEEST/Ekman and
Friesen faces. Pers Individ Differ. 2015; 72: 150–154.
37. John OP, Robins RW, Pervin LA, editors. Handbook of Personality: Theory and Research. 3rd ed.
New York: Guilford Press; 2008.
Human Psychological Factors Affect Emotion Rating of Dog Faces
PLOS ONE | DOI:10.1371/journal.pone.0170730 January 23, 2017 16 / 18
38. McCrae RR, Costa PT Jr. Validation of the five-factor model of personality across instruments and
observers. J Pers Soc Psychol. 1987; 52: 81–90. PMID: 3820081
39. Soldz S, Vaillant GE. The big five personality traits and the life course: A 45-year longitudinal study. J
Res Pers. 1999; 33: 208–232.
40. McCrae RR, John OP. An introduction to the five-factor model and its applications. J Pers. 1992; 60:
175–215.
41. Loehlin JC, McCrae RR, Costa PT Jr., John OP. Heritabilities of common and measure-specific compo-
nents of the big five personality factors. J Res Pers. 1998; 32: 431–453.
42. Knyazev GG, Bocharov AV, Slobodskaya HR, Ryabichenko TI. Personality-linked biases in perception
of emotional facial expressions. Pers Individ Differ. 2008; 44: 1093–1104.
43. Canli T, Sivers H, Whitfield SL, Gotlib IH, Gabrieli JD. Amygdala response to happy faces as a function
of extraversion. Science. 2002; 296: 2191. doi: 10.1126/science.1068749 PMID: 12077407
44. Canli T, Zhao Z, Desmond JE, Kang E, Gross J, Gabrieli JD. An fMRI study of personality influences on
brain reactivity to emotional stimuli. Behav Neurosci. 2001; 115: 33–42. PMID: 11256451
45. Cremers HR, Demenescu LR, Aleman A, Renken R, van Tol MJ, van der Wee NJ, et al. Neuroticism
modulates amygdala-prefrontal connectivity in response to negative emotional facial expressions. Neu-
roimage. 2010; 49: 963–970. doi: 10.1016/j.neuroimage.2009.08.023 PMID: 19683585
46. Konok V, Nagy K, Miklosi A. How do humans represent the emotions of dogs? The resemblance
between the human representation of the canine and the human affective space. Appl Anim Behav Sci.
2015; 162: 37–46.
47. Westbury Ingham H, Neumann D, Waters A. Empathy-related ratings to still images of human and non-
human animal groups in negative contexts graded for phylogenetic similarity. Anthrozoo¨s. 2015; 28:
113–130.
48. Norring M, Wikman I, Hokkanen AH, Kujala MV, Ha¨nninen L. Empathic veterinarians score cattle pain
higher. Vet J. 2014; 200: 186–190. doi: 10.1016/j.tvjl.2014.02.005 PMID: 24685101
49. Meyer I, Forkman B, Paul ES. Factors affecting the human interpretation of dog behavior. Anthrozoo¨s.
2014; 27: 127–140.
50. Ekman P, Friesen WV. Constants across cultures in the face and emotion. J Pers Soc Psychol. 1971;
17: 124–129. PMID: 5542557
51. John OP, Srivastava S. The Big-Five trait taxonomy: History, measurement, and theoretical perspec-
tives. In: Pervin LA, John OP, editors. Handbook of personality: Theory and research New York: Guil-
ford Press; 1999. pp. 102–138.
52. Davis M. A multidimensional approach to differences in empathy. Catalog of Selected Documents in
Psychology. 1980; 10: 85.
53. Bloom T, Friedman H. Classifying dogs’ (Canis familiaris) facial expressions from photographs. Behav
Process. 2013; 96: 1–10.
54. Oldfield RC. The assessment and analysis of handedness: the Edinburgh inventory. Neuropsychologia.
1971; 9: 97–113. PMID: 5146491
55. Harrison ME, Hall AE. Anthropomorphism, empathy, and perceived communicative ability vary with
phylogenetic relatedness to humans. J Soc Evol Cult Psychol. 2010; 4: 34–48.
56. Kiesler T, Kiesler S. My pet rock and me: an experimental exploration of the self extension concept. In:
Menon G, Rao AR, editors. Advances in Consumer Research. Duluth, MN: Association for Consumer
Research; 2005. pp. 365–370.
57. Vaes J, Meconi F, Sessa P, Olechowski M. Minimal humanity cues induce neural empathic reactions
towards non-human entities. Neuropsychologia. 2016; 89: 132–140. doi: 10.1016/j.neuropsychologia.
2016.06.004 PMID: 27288560
58. Mayer JD, DiPaolo M, Salovey P. Perceiving affective content in ambiguous visual stimuli: a component
of emotional intelligence. J Pers Assess. 1990; 54: 772–781. doi: 10.1080/00223891.1990.9674037
PMID: 2348356
59. Kanwisher N, McDermott J, Chun MM. The fusiform face area: a module in human extrastriate cortex
specialized for face perception. J Neurosci. 1997; 17: 4302–4311. PMID: 9151747
60. Chen CC, Kao KL, Tyler CW. Face configuration processing in the human brain: the role of symmetry.
Cereb Cortex. 2007; 17: 1423–1432. doi: 10.1093/cercor/bhl054 PMID: 16923779
61. Chao LL, Martin A, Haxby JV. Are face-responsive regions selective only for faces? Neuroreport. 1999;
10: 2945–2950. PMID: 10549802
62. Haxby JV, Ungerleider LG, Clark VP, Schouten JL, Hoffman EA, Martin A. The effect of face inversion
on activity in human neural systems for face and object perception. Neuron. 1999; 22: 189–199. PMID:
10027301
Human Psychological Factors Affect Emotion Rating of Dog Faces
PLOS ONE | DOI:10.1371/journal.pone.0170730 January 23, 2017 17 / 18
63. Stacy MC, Augustine KE, Robb RA. Image BOSS: an image database system designed for research. J
Digit Imaging. 1997; 10: 56–59. doi: 10.1007/BF03168658 PMID: 9268840
64. Ekman P, Friesen WV. Facial action coding system. California: Consulting Psychology Press; 1978.
65. Canli T. Functional brain mapping of extraversion and neuroticism: Learning from individual differences
in emotion processing. J Pers. 2004; 72: 1105–1132. doi: 10.1111/j.1467-6494.2004.00292.x PMID:
15509278
66. Benjamini Y, Hochberg Y. Controlling the False Discovery Rate—a Practical and Powerful Approach to
Multiple Testing. J Roy Stat Soc B Met. 1995; 57: 289–300.
67. Kanwisher N, Stanley D, Harris A. The fusiform face area is selective for faces not animals. Neurore-
port, 1999; 10: 183–187. PMID: 10094159
68. Blonder LX, Smith CD, Davis CE, Kesler-West ML, Garrity TF, Avison MJ, et al. Regional brain
response to faces of humans and dogs. Brain Res Cogn Brain Res. 2004; 20: 384–394. doi: 10.1016/j.
cogbrainres.2004.03.020 PMID: 15268916
69. Gajewski P, Stoerig P. N170 –An Index of Categorical Face Perception? An ERP Study of Human, Non-
human Primate, and Dog Faces. J Psychophysiol. 2011; 25: 174–179.
70. Franklin RG Jr., Nelson AJ, Baker M, Beeney JE, Vescio TK, Lenz-Watson A, et al. Neural responses
to perceiving suffering in humans and animals. Soc Neurosci. 2013; 8: 217–227. doi: 10.1080/
17470919.2013.763852 PMID: 23405957
71. Russell JA, Fehr B. Relativity in the perception of emotion in facial expression. J Exp Psychol Gen.
1987; 116: 223–237.
72. Klausz B, Kis A, Persa E, Miklo´si A, Ga´csi M. A quick assessment tool for human-directed aggression in
pet dogs. Aggress Behav. 2014; 40:178–188. doi: 10.1002/ab.21501 PMID: 23945929
73. Kosonogov V, Titova A, Vorobyeva E. Empathy, but not mimicry restriction, influences the recognition
of change in emotional facial expressions. Q J Exp Psychol. 2015; 68: 2106–2115.
74. Lee SA, Guajardo NR, Short SD, King W. Individual differences in ocular level empathic accuracy abil-
ity: The predictive power of fantasy empathy. Pers Individ Differ. 2010; 49: 68–71.
75. Meyer I, Forkman B. Nonverbal communication and human-dog interaction. Anthrozoo¨s. 2014; 27:
553–568.
76. Nass C, Steuer J, Tauber E. Computers are social actors. CHI 94 Boston, USA; 1994. pp. 72–78. Avail-
able from: http://www.radford.edu/~sjennings15/CASA.pdf
77. Chaminade T, Hodgins J, Kawato M. Anthropomorphism influences perception of computer-animated
characters’ actions. Soc Cogn Affect Neurosci. 2007; 2: 206–216. doi: 10.1093/scan/nsm017 PMID:
18985142
78. Farago T, Andics A, Devecseri V, Kis A, Gacsi M, Miklo´si A. Humans rely on the same rules to assess
emotional valence and intensity in conspecific and dog vocalizations. Biol Lett. 2014; 10: 20130926.
doi: 10.1098/rsbl.2013.0926 PMID: 24402716
79. Epley N, Waytz A, Cacioppo JT. On seeing human: a three-factor theory of anthropomorphism. Psychol
Rev. 2007; 114: 864–886. doi: 10.1037/0033-295X.114.4.864 PMID: 17907867
80. Bahlig-Pieren Z, Turner D. Anthropomorphic interpretations and ethological descriptions of dog and cat
behavior by lay people. Anthrozoo¨s. 1999; 12: 205–210.
81. Diesel G, Brodbelt D, Pfeiffer D. Reliability of assessment of dogs’ behavioural responses by staff work-
ing at a welfare charity in the UK. Appl Anim Behav Sci. 2008; 115: 171–181.
Human Psychological Factors Affect Emotion Rating of Dog Faces
PLOS ONE | DOI:10.1371/journal.pone.0170730 January 23, 2017 18 / 18
